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Tempo-Spatial Patterns of Foraging by Birds in Mosaic 
Agricultural Landscapes 
Abstract 
Many farmland breeding bird populations decline, while large herbivorous bird 
species, which forage on farmland outside the breeding period, increase their 
numbers. Intensification of agriculture causes both processes. Foraging habitat 
choice was studied in farmland breeding Eurasian Curlews and spring-staging 
waterfowl, through repeated counts of birds on fields. 
Foraging Eurasian Curlews shifted from grasslands to tilled, newly sown cereal 
fields in June, while non-foraging birds did not. The conclusion is that earthworms 
in dry untilled grassland soils become gradually harder to access for probing birds, 
while tilled soil remain easy to penetrate. Eurasian Curlews benefit from mosaic 
landscapes with a mixture of crops, and which offer ample foraging conditions 
throughout the season. 
During spring-staging, geese and swans commute between the roost and 
agricultural fields. Variable selection in hurdle models revealed that field size, 
distance to the roost and agricultural treatments ley, stubble and unharvested cereal 
were important for foraging habitat choice, while other agricultural treatments and 
disturbance were not. Fields with unharvested cereal were, by far, the most 
attractive. The dataset had high levels of zero-inflation and aggregation, and hurdle 
models did not fit the data very well. Instead, we created the ADJUN model, which 
performed better than the hurdle model. ADJUN and hurdle models were used to 
estimate the coefficients of the important variables. Based on the estimates, we 
present mathematical formula to calculate the probabilities for presence, and the 
expected numbers of the four studied waterfowl species on agricultural fields of 
staging sites similar to the Ume River Delta area. 
From these studies, I conclude that agricultural treatment is the most important 
determinant of the quality of a field for foraging birds, and also, that landscape-
wide planning of treatment of farmed fields can be an effective tool for bird 
conservation, and for the reduction of crop damage by birds. 
Keywords: Eurasian Curlew, farmland bird, soil-penetrability, waterfowl, staging 
site, zero-inflation, modelling, hurdle model, AIC, generalized linear model, true 
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1  Introduction 
When agriculture started to develop during terminal Pleistocene, 
Scandinavia was still completely covered by the Weichselian ice-sheet 
(Grosswald 1980, Roberts 1998). When the ice-sheet withdrew 11,000 BP, 
hunter-gatherers immigrated into the deglaciated parts of Scandinavia. 
Agriculture spread over Europe during the first half of the Holocene and 
reached the southern parts of Sweden 6,000 BP. However, it took another 
3,000 years to become firmly established in coastal northern Sweden 
(Harris 1990, Welinder et al. 1998). In the inland of northern Sweden, 
finally, sedentary farming was introduced as recently as four hundred years 
ago (Welinder et al. 1998). 
During the hunter-gatherer period, man influenced the landscape mainly 
by decreasing the population densities of large herbivorous mammals, 
including the post-glacial megafauna. In south-central Sweden, this resulted 
in the closing of the forest canopy (Emanuelsson 2009). Early sedentary 
farming, on the other hand, led to a re-opening of the landscape due to 
grazing livestock and extensive collection of winter feed (mainly hay, 
leaves and branches) away from the farmed fields. The introduction of 
fertilizers and motorized equipment at the beginning of the 20th century 
resulted in a sharp increase of the productivity of arable land. 
Consequently, the production of food, feed, and pasture became 
concentrated to easily-managed, high-yielding fields near human 
settlements; while forests, wetlands and remote fields were no longer 
needed for agriculture. Again, the forests grew denser, and previously 
farmed lands were abandoned. In this process, a large proportion of (semi-
)natural grasslands used for hay-making or grazing were either turned into 
arable land or forest (Morell 2001, Flygare & Isacson 2003, Emanuelsson 
2009).   8
Like in history in general, our knowledge of birds in the agricultural 
landscape degrades when moving from the present to ancient times. This 
may be an important reason why our biological conservation concern is 
mainly based on the development over the last 50-100 years, and the 
conservation target (base-line) set accordingly (Emanuelsson 2009, Vera 
2009). Recently, our current base-line for biological conservation has been 
challenged (Donlan et al. 2005, Svenning 2007, Emanuelsson 2009), and 
e.g. Vera (2009) argues that sustained biodiversity demands the restoration 
of landscapes once shaped by large, herbivorous mammals. For many 
species of farmland breeding birds, the re-opening of the landscape should 
be beneficial, especially if it were combined with re-wetting of the 
landscape and with extensification of agriculture (Toogood and Joyce 
2009). 
Despite our lack detailed historical knowledge, we have good reason to 
believe that early sedentary farming improved conditions for many of 
today’s farmland breeding birds, especially the ones that breed and forage 
on (semi-)natural grasslands and arable land. Livestock and scythe replaced 
the ungulate populations that hunting humans had decimated. In northern 
Sweden, agricultural regimes based on a small area of infields, nutritionally 
supported by the surrounding landscape, dominated well into the first half 
of the 20th century (Emanuelsson 2009). Meanwhile, the area of arable 
land started to increase during the second half of the 19th century, through 
the cultivation of natural grasslands and wetlands. Initially this led to a 
further improvement of the conditions for farmland bird species, of which 
several increased their numbers and range. 
Since the middle of the 20th century, agricultural intensification and, on 
the other hand, the abandonment of marginal farmland have led to a decline 
of many other farmland breeding species in Western Europe, especially the 
ones that feed on invertebrates and seeds of weeds (Fuller et al. 2004, 
Siriwardena  et al. 2008, Butler et al. 2010). In northern Sweden, the 
decline of farmland breeding birds started more recently, and has not been 
as dramatic as in southern-central Sweden or in Western Europe 
(Hagemeijer and Blair 1997, de Jong & Berg 2001, Ottvall et al. 2009).  
Unlike farmland breeding birds, large herbivorous birds have gained 
from the industrialization of agriculture (van Eerden et al. 1996). These 
birds use farmland during the winter and during migration, and have 
benefitted from new crops, increased yield and more spill. Species like 
Whooper Swan (Cygnus cygnus), Bean Goose (Anser fabalis), Greylag 
Goose (Anser anser) and Canada Goose (Branta canadensis) rely heavily 
on agricultural crops outside the breeding season, and all but the Bean   9
Goose have increased their numbers and range dramatically over the last 
decades (Madsen et al. 1999). These increasing waterfowl populations pose 
new management challenges, because of increasing crop damages and 
carry-over effects on vegetation and other bird species in their breeding 
habitat (Jepsen 1991, Madsen et al. 1999, Jefferies et al. 2003, Gauthier et 
al. 2005, Klaassen et al. 2008). 
The agricultural landscapes of northern Sweden offer excellent 
conditions for investigations of the avian fauna. In this region, the decline 
of farmland breeding birds has only recently begun, and its history and 
causes could be studied effectively, both locally and in comparison with 
other places in Sweden and internationally (e.g. Wretenberg et al. 2006). 
Also, the role for migratory birds on their way to and from boreal, arctic 
and alpine breeding grounds played by the agricultural landscapes of 
northern Sweden is largely unexplored. In addition, damage to agricultural 
crops caused by birds is a fairly new, but growing, problem in the region. 
Thus, there are unique opportunities to study, empirically and 
experimentally, the development of the interactions between bird 
populations and the agricultural landscapes of northern Sweden.   10
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2  Objectives 
This thesis assesses deterministic aspects of tempo-spatial foraging 
behaviour of birds in the agricultural landscape. Because of their high 
mobility, birds seek to be where the current cost-benefit ratio is optimal 
and, thus, their presence expresses the quality of an agricultural field for 
them. By repeatedly counting birds on agricultural fields, the tempo-spatial 
process of foraging habitat use can be studied.  
The hypotheses were: 
  Foraging and non-foraging Eurasian Curlews shift preference 
for agricultural treatment classes over the breeding season 
differently. (Paper I) 
  In the process of deciding where to forage, swans and geese 
use field characteristics in the order of priority: (1) density 
and quality of accessible food resources and (2) flight 
distance from the roost. (Paper II) 
  Numbers of spring-staging swans and geese on individual 
agricultural fields can be modelled (and thus predicted) from 
field characteristics; field size, agricultural treatment and 
distance to the roost. (Paper II)   12
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3  Methods 
3.1  Study area 
The investigations presented in this thesis were carried out in a rural 
landscape in the vicinity of the city of Umeå (63.8
oN, 20.3
oE) in the county 
of Västerbotten, northern Sweden. Here, farmed land on sediment soils, 
forests, lakes, settlements and infrastructure create a mosaic landscape. 
Agricultural production is dominated by dairy production and the main 
crops are ley and spring-sown barley. Farmland is divided into fields, the 
long term management units for farming. Fields are easily recognized by 
vegetation cover, surrounding ditches and forest edges. Due to variation in 
treatment of fields, the farmed land also has a mosaic structure. 
The study on Eurasian Curlews (Paper I) was made in the agricultural 
landscape south of the Ume River within 20 km from of the city of Umeå. 
A total of 298 fields (509 ha) along ten road/track sections were included in 
the study. These roads or tracks were accessible throughout the study 
period and allowed for a complete view over the investigated fields. 
The waterfowl study (Paper II) was conducted in the agricultural 
landscape of the Ume River Delta area (west of the river downstream the 
city of Umeå). This area is an important staging site for waterfowl during 
spring migration. In this landscape, the vast majority of agricultural fields 
(90% = 1700 ha), were included in the study. The studied species feed on 
agricultural fields during daytime and spend the night (and regularly even 
part of the day) on a system of roosts, usually located on river arms or bays 
in the river delta. However, when flooding occurs, pools on farmland are 
also used for roosting.   14
3.2  Study species 
The Eurasian Curlew Numenius arquata (Linnaeus, 1758) breeds on 
wetlands (bogs and mires) and on farmland (Svensson et al. 1999). 
Eurasian Curlews nest on the ground and feed on invertebrates taken from 
the soil surface and up to over 25 cm depth. In Sweden at least half of the 
population breeds on agricultural land (Arvidsson et al. 1992, de Jong & 
Berg 2001). The Swedish breeding population, which winters in Western 
Europe, has declined at an average annual rate of 1.8% since 1975 and 
2.9% since 1998 (Lindström et al. 2009), and the species is redlisted as 
Near Threatened (NT). The Eurasian Curlew is a very popular bird and 
could play an important role as a flagship species in biodiversity 
conservation in the agricultural landscape (Home et al. 2009).  
Whooper Swan Cygnus cygnus (Linnaeus 1758), Bean Goose Anser 
fabalis ssp. (Brisson 1760), Greylag Goose Anser anser (Linnaeus 1758) 
and Canada Goose Branta canadiensis (Linnaeus 1758) were the studied 
spring-staging waterfowl species. These birds breed in wetlands, lakes and 
coastal habitats of the northern boreal zone of Fennoscandia and western 
Russia (del Hoyo et al. 1992, Gjershaug et al. 1994, Hagemeijer & Blair 
1997, Väisänen et al. 1998, Svensson et al. 1999). The breeding 
populations of the Whooper Swan, Greylag Goose and Canada Goose in 
Sweden and Finland have increased dramatically over the last three decades 
(Väisänen et al. 1998, Svensson et al. 1999, Ottvall et al. 2009), but the 
population trend for the Bean Goose in these countries is stable, at best 
(Madsen  et al. 1999, Thomas Heinicke pers.com.). Among birds, these 
species belong to the large herbivores and, outside the breeding season, 
they forage mainly on agricultural fields where they eat harvest spill 
(potatoes, sugar beets, maize, grain, etc.) or grasses (Jefferies et al. 2003, 
Fox et al. 2005). These agricultural fields are within “commuting-distance” 
(usually less than 10 km) from a roost, where they rest, bath, drink, preen 
and socialize, mainly during the night, but often even part of the day. 
During spring migration, swans and geese, especially those that breed in 
the Arctic, store energy reserves to be used during the breeding season, 
and, consequently, their demands on the quantity and quality of available 
food resources are high (Drent and Daan 1980, Drent et al. 2006). In places 
where geese are hunted, they are easily disturbed by human activities and 
are considered “shy”, but they readily habituate to human presence when 
they feel safe (Béchet et al. 2003, Béchet et al. 2004, Tombre et al 2005). 
Spring-staging geese cause substantial crop damage in Denmark and 
Norway, but not in Sweden, so far (Jepsen 1991, Klaassen et al. 2006, 
Viltskadecenter 2010).   15
3.3  Data collection and analysis 
For paper I, numbers and behaviour of Eurasian Curlews on 298 fields 
were documented twice during each of four periods between 2 May and 9 
July 2007. These periods represent: (a) the egg-laying phase before farming 
activities start, (b) incubation period and tilling and sowing of cereal fields, 
(c) early chick-rearing and harvest of grasslands, and, finally, (d) guarding 
of the young and sporadic hay-making. The agricultural treatment of the 
investigated fields was classified as (1) ley, (2) recently cut ley, (3) stubble 
field, (4) tilled, (5) newly sown cereal, (6) cereal, (7) pasture and (8) set-
aside. To minimize observer-caused disturbance, all observations were 
made from a car using binoculars (10 times magnifications) and, if needed, 
a telescope (30 times magnification). The behaviour of each individual bird 
was classified as foraging or non-foraging (= resting, preening, guarding or 
nesting). These two classes were distinct and mutually exclusive. After the 
fields had been scanned for Eurasian Curlews, a selection of fields was 
patrolled on foot to control for undetected birds. These controls showed 
that only two Eurasian Curlews (0.4% of the observed birds) had been 
overlooked using this observation method. 
Assuming random spatial distribution, 90, 95 and 99% confidence 
intervals (CI’s) of expected numbers of foraging and non-foraging Eurasian 
Curlews were calculated from area per treatment and total number of birds. 
These calculations, based on binomial distribution, were made per 
treatment class and period. Observed numbers were compared with the CI’s 
of the expected numbers. 
Paper II is based on numbers of swans and geese on 738-765 
agricultural fields in the Ume River Delta area from weekly counts during 
the spring-staging period of 2005-2009. The counts were made during 
daytime from 50 fixed positions. In all, 33 counts were included in the 
analysis. Agricultural treatment of the fields was assessed by ground 
surveys of the entire study area during the year prior to each counting 
season (summer and late autumn). Agricultural treatment classes used in 
this study were (1) ley, (2) stubble, (3) tilled, (4) unharvested cereal, (5) 
pasture, (6) set-aside and (7) “other”. 
A Geographic Information System (GIS) was used to map fields, 
agricultural treatment and observed numbers of the study species. From this 
digital map, the field characteristics field area, distance to the roost and the 
amount of settlements, roads and forest edges within a 100 m buffer around 
the field were extracted. 
Version 2.10.1 of R, including the MASS and pscl libraries, was used 
for statistical analysis and modelling. Hurdle models fitted the data   16
structure and the number of explanatory variables and were used for 
variable selection, but produced unsatisfactory predictions. Instead, we 
developed a novel model class “ADJUN” that produced models, which 
fitted the data better than hurdle models did. Finally, we used both hurdle 
and ADJUN models to find and evaluate estimates for explanatory variable 
coefficients, and to propose computational functions that predict 
presence/absence and abundance of foraging waterfowl on agricultural 
fields during spring-staging in the Ume River Delta area and similar sites.   17
4  Results and discussion 
4.1  Paper I 
The main result of this study was that foraging Eurasian Curlews preferred 
fields of ley in May, but shifted to newly sown cereal fields in June, while 
this shift in habitat choice did not occur among non-foraging birds (Fig. 1). 
The difference between these behaviour classes points at food as the 
driving force. 
My interpretation of this shift of foraging habitat choice is that, when 
soils dry out, probing for soil-living invertebrates in un-tilled soils becomes 
gradually harder. Tilling loosens up the soil and newly sown (tilled) fields 
offer easy access to soil-living prey. In grassland dominated landscapes, 
tilled fields may be essential for adult Eurasian Curlews under dry summer 
conditions, especially in areas where alternative feeding options (e.g. in 
ditches and on uncropped patches) have been reduced, as they usually are 
in today’s agricultural landscapes. 
The importance of soil-penetrability for foraging behaviour has been 
shown in several wader species, e.g. Dunlin Calidris alpina (Mouritsen & 
Jensen 1992, Taft et al. 2008), Common Snipe Gallinago gallinago (Green 
et al. 1990) and Eastern Curlew Numenius madagascariensis Congdon & 
Catterall 1994 and Finn et al. 2008). The latter is a close relative to the 
Eurasian Curlew with similar ecology, but it does not regularly breed on 
farmland. The issue of soil-penetrability, or probing resistant, also puts 
focus on the accessibility of available food. Food is only truly available 
when it is accessible. 
Farmland breeding Eurasian Curlews once evolved in natural wetland 
habitats, where probing resistance was not hampering foraging birds. When 
they left their shrinking home to settle in expanding man-made habitat,   18
their long bills were probably as efficient as before, but when fields were 
drained and wet, uncropped habitats disappeared, reaching their main prey 
became troublesome. Tilled fields solved their problem. Unfortunately, 
tilled fields alone can not make up an attractive breeding habitat for 
Eurasian Curlews. Berg (1993) and Valkama et al. (1998) showed that 
grasslands were important in landscapes dominated by tillage (cereal 
fields). In my study area, the conditions are reversed; the landscape is 
dominated by grasslands and tilled cereal fields are important during the 
second half of the breeding period. Consequently, a mixture of grasslands 
and cereal fields is the landscape of choice for farmland breeding Eurasian 
Curlews. If wet uncropped habitats are available within the breeding 
territory, habitat quality improves even further. When agriculture, again, 
can deliver “smorgasbord” landscapes, the decline of the Eurasian Curlew 
and other farmland breeding birds is likely to halt and, eventually, reverse. 
 
Figure 1. Observed numbers (dots) of foraging and non-foraging Eurasian Curlews over 
agricultural treatment classes and periods compared with 95% intervals under random 
spatial (binomial) distribution (bars). 
4.2  Paper II 
The 38,879 counted waterfowl individuals were very unevenly distributed 
over the agricultural fields in the study area, and on 76% of the fields (57% 
of total area) not a single bird was counted. Which fields were used varied   19
between species, between years and within the staging period. Even the 
numbers per field varied greatly. The results of the counts indicate an 
opportunistic foraging behaviour and high levels of flexibility in the 
selection of fields for foraging by swans and geese. 
By comparing hurdle models with different combinations of explanatory 
variables, we found that field size, distance to the roost area and 
agricultural treatment classes ley, stubble and grain (entered as binary 
dummy variables) fitted the data best, over the years and over the species. 
Among these variables, grain (for unharvested cereal) had the strongest 
effect (positive), followed by stubble (positive) and distance to the roost 
(negative). Human disturbance (measured by three proxy variables) did not 
have a strong effect on which field the swans and geese chose to forage on. 
This lack of impact of human disturbance on swans and, especially, geese 
may be surprising, but most records of the shyness of these species are 
from places and times when they were hunted (Göransson and Karlsson 
1976, Madsen and Fox 1995). Spring-staging waterfowl in northern 
Sweden have not been hunted for many decades, and thus, human activities 
are not perceived as a serious predation risk (Fox and Madsen 1997, 
Naturvårdsverket 2004). Predation by a growing number of White-tailed 
Eagles (Haliaeetus albicilla, Linnaeus 1758), on the other hand, is likely to 
play an increasing role for the future distribution of waterfowl in the Ume 
River Delta area (Wallin and Delin 2010).  
Due to the uneven distribution of the counted birds, the dataset was 
highly zero-inflated and aggregated, and although hurdle models are 
competent in handling this kind of datasets, their performance was 
disappointing. As a result, we created the ADJUN model. Like hurdle 
models, ADJUN models include a binary (binomial) model (step 1) used to 
fit probabilities for presence (= non-zero counts) and a count model (step 2) 
to fit abundances (here: numbers of waterfowl per field). The main 
difference between hurdle and ADJUN models lays in the selection of cases 
that are used in the count model. In ADJUN models there are two 
alternative ways to select the cases for the count model (ADJUN A and 
ADJUN B). In a variant of the ADJUN model (both A and B), fitted values 
of the count model are not multiplied by the probabilities fitted by the 
binary model. Measured by standardized Root Mean Square Error, this 
variant of ADJUN model fitted the data better than hurdle models 
(Appendix 3 in Paper II).  
Finally, we used ADJUN and hurdle models to estimate the coefficients 
of the relevant explanatory variables (Table 8 in Paper II). These estimates 
can be used to predict the effect of numeric changes of the explanatory   20
variables. For example, the ADJUN B model for Bean Geese 2009 predicts 
that the probability that a field is used by foraging Bean Geese decreases 
with 26% per km from the roost area. Based on these estimates, we present 
generalized formulas to compute presences/absences and abundances of 
swans and geese on agricultural fields of staging sites similar to the Ume 
River Delta area. 
   21
5  Conclusions 
Eurasian Curlews foraged on grasslands early and on cereal fields later in 
the breeding season (Paper II). This strongly indicates that this species fares 
better in landscapes where both field types are available, and that the   
(re-)creation of mosaic landscapes with a mixture of crops could help to 
turn the downward trend of the Eurasian Curlew, and other farmland 
breeding bird species. 
Agricultural treatment determines the amount and quality of available food 
resources, and these food resources are the most important factor behind 
the presence/absence and abundance of waterfowl on agricultural fields in a 
spring-staging area (Paper II). Distance to the roost is also important, but 
disturbance by human activities has a minor impact, when hunting and 
organized scaring are absent. Agricultural treatment can be used to improve 
the quality of the staging site for waterfowl, and to “guide” the birds away 
from places where they are unwanted to places where they cause limited 
damage. The quality of a field is always measured relative to alternative 
fields, though, but birds are generally quick to respond to altered 
conditions. Obviously, it takes a landscape approach and cooperation over 
the staging area for effective use of agricultural treatment as a tool to 
rearrange birds in the landscape. 
Models derived from large amounts of empirical data can explain 
processes, highlight important factors and predict responses to changing 
conditions. The ADJUN model presented in Paper II is competent in 
modelling presence/absence and abundance from highly zero-inflated and 
aggregated data. In the future, models for different part of the life-cycle of 
birds will be linked together, e.g. in flyway-oriented models. Such models 
will become important tools for sustainable management of e.g. waterfowl 
populations.   22
   23
6  References 
Arvidsson, B., Boström, U., Dahlén, B., de Jong, A., Kolmodin, U. and Nilsson, S.G. (1992) 
The importance of mires as breeding habitat for wetland birds in Sweden.  
Ornis Svecica 2, pp. 67–76. 
Béchet, A., Giroux, J-F. and Gauthier, G. (2004) The effects of disturbance on behaviour, 
habitat use and energy of spring staging snow geese.  
Journal of Applied Ecology 41, pp. 689-700. 
Béchet, A., Giroux, J-F., Gauthier, G., Nichols, J.D. and Hines, J.E. (2003) Spring hunting 
changes the regional movements of migrating greater snow geese.  
Journal of Applied Ecology 40, pp. 553-564. 
Berg, Å. (1993) Food resources and foraging success of curlews Numenius arquata in 
different farmland habitats. Ornis fennica 70(3), pp. 22-31. 
Butler, S.J., Mattison, E.H.A., Glithero, N.J., Robinson, L.J., Atkinson, P.W., Gillings, S., 
Vickery, J.A. and Norris, K. (2010) Resource availability and the persistence of seed-
eating bird populations in agricultural landscapes: a mechanistic modelling approach. 
Journal of Applied Ecology 47, pp. 67–75. 
Congdon, B.C. and Catterall, C.P. 1994. Factors influencing the Eastern Curlew’s 
distribution and choice of foraging sites among tidal flats of Moreton Bay, South-eastern 
Queensland. Wildlife Res. 21: 507-518. 
Cooke, F., Rockwell, R.F. and Lank, D.B. (1995) The Snow Geese of La Pérouse Bay. 
Oxford University Press, Oxford. 
de Jong, A. and Berg, Å. (2001) Storspoven i Sverige. Resultat av riksinventeringen 1999. 
Vår Fågelvärld 2001(2), 6–16. [In Swedish] 
del Hoyo, J., Elliott, A. and Sargatal, J. eds. (1992) Handbook of the Birds of the World. 
Vol. 1. Lynx Edicions, Barcelona. 
Donlan, J. (2005) Re-wilding North America. Nature 435, pp. 913-914. 
Drent, R.H. and Daan, S. (1980) The prudent parent: energetic adjustments in avian 
breeding. Ardea, 68, 225-252. 
Drent, R.H., Fox, A.D. and Stahl, J. (2006) Travelling to breed.  
Journal of Ornithology 147, pp. 122-134. 
Emanuelsson, U. (2009) The rural landscapes of Europe. How man has shaped European 
nature. The Swedish Research Councel Formas. Fälth & Hässler, Värnamo.   24
ESRI 2006. ArcInfo 9 - Using ArcGIS Desktop. ESRI, 380 New York Street, Redlands, CA 
92373-8100, USA. 
Finn, P.G., Catterall, C.P. and Driscoll, P.V. 2008. Prey versus substrate as determinants of 
habitat choice in a feeding shorebird. Estuarine, Coastal and Shelf Science 80: 381-390. 
Flygare, I.A. and Isacson, M. (2003) Jordbruket i välfärdssamhället 1945-2000. Det 
Svenska jordbrukets historia. Natur och Kultur/LTs förlag. Ljungföretagen, Örebro. [In 
Swedish] 
Fox, A.D. and Madsen, J. (1997) Behavioural and distributional effects of huntinh 
disturbance on waterbirds in Europe: implication for refuge design. Journal of Applied 
Ecology 34: 1-13. 
Fox, A.D., Madsen, J., Boyd, H, Kuijken, E., Norriss, D.W., Tombre, I.M. and Stroud, D.A. 
(2005) Effects of agricultural change on abundance, fitness components and distribution 
of two arctic-nesting goose populations.  
Global Change Biology 11(6), pp. 881-893. 
Fuller, R. J., Gregory, R. D., Gibbons, D. W., Marchant, J. H., Wilson, J. D,. Baillie, S. R. 
and Carter, N. (1995) Population Declines and Range Contractions among Lowland 
Farmland Birds in Britain. Conservation Biology 9(6), pp. 1425-1441. 
Fuller, R.J., Hinsley, S.A. and Swetnam, R.D. (2004) The relevance of non-farmed, 
uncropped areas and habitat diversity to the conservation of farmland birds.  
Ibis 146(Suppl. 2), pp. 22-31. 
Gauthier, G., Giroux, J.F., Reed, A., Bechet, A. and Belanger, L. (2005) Interactions 
between land use, habitat use, and population increase in greater snow geese: what are 
the consequences for natural wetlands? Global Change Biology 11(6), pp. 856-868. 
Gjershaug. J.O., Thingstad, P.G., Eldöy, S. and Byrkjeland, S. (1994) Norsk fugleatlas. 
Norsk Ornitologsik Forening, Klaebu. [In Norwegian] 
Green, R.E., Hirons, G.J.M. and Cresswell, B.H. 1990. Foraging habitats of female 
Common snipe Gallinago gallinago during the incubation period. J. Appl. Ecol. 27: 325-
335. 
Grosswald, M.G., (1980) Late Weichselian ice sheet of northern Eurasia.  
Quaternary Research 13, pp. 1–32. 
Göransson, G. and Karlsson, J. (1976) Störningseffekter på djur - med exempel från 
gåsjakten i Skåne. Anser 15: 119-124. [In Swedish] 
Hagemeijer, W.J.M. and Blair, M.J. (Eds.) (1997) The EBCC atlas of the European 
breeding birds: their distribution and abundance. T & A D Poyser, London. 
Harris, D.R. (1990) Vavilov’s concept of centres of origin of cultivated plants: its genesis 
and its influence on the study of agricultural origins.  
Biological Journal of the Linnean Society 39, pp. 7-16. 
Home, R., Keller, C., Nagel. P, Bauer, N. and Hunziker, M. 2009. Selection criteria for 
flagship species by conservation organizations. Environmental Conservation 36(2): 139-
148. 
Jefferies, R.L. and Drent, R.H. (2006) Arctic geese, migratory connectivity and agricultural 
change: calling the sorcerer’s apprentice to order. Ardea 94(3), pp. 537-554.   25
Jefferies, R.L., Rockwell, R.F. and Abraham, K.F. (2003) The embarrassment of the riches: 
agricultural food subsidies, high goose numbers, and loss of Arctic wetlands - a 
continuing saga. Environmental Review 11, 193-232. 
Jepsen. P.U. (1991) Crop damage and management of the Pink-footed goose Anser 
brachyrhynchus in Denmark. Ardea 79, pp. 191-194. 
Klaassen, M., Bauer, S., Madsen, J. and Possingham, H. (2008) Optimal management of a 
goose flyway: migrant management at minimum cost.  
Journal of Applied Ecology 45, pp. 1446-1452. 
Klaassen, M., Bauer, S., Madsen, J. and Tombre, I. (2006) Modelling behavioural and 
fitness consequences of disturbance for geese along their spring flyway.  
Journal of Applied Ecology 43, pp. 92-100. 
Lima, S.L. and Zollner, P.A. (1996) Towards a behavioral ecology of ecological landscapes. 
Trends in Ecology and Evolution 11, 131-135. 
Lindström, Å., Green, M., Ottvall, R. and Svensson, S. (2009) Monitoring population 
changes of birds in Sweden. Annual rapport 2008. Dept. of Ecology, Lund University. 
80 pp. 
Madsen, J., Cracknell, G. and Fox, A.D. (eds) (1999) Goose Populations of the Western 
Palearctic, A Review of Status and Distribution. Wetlands International Publication 48. 
Wetlands International, Wageningen, the Netherlands. 
Madsen, J. and Fox, A.D. (1995) Impacts of hunting disturbance on waterbirds - a review. 
Wildlife Biology 1(4): 193-207 
Morell, M. (2001) Jordbruket i industrisamhället 1870-1945. Det Svenska jordbrukets 
historia. Natur och Kultur/LTs förlag. Centraltryckeriet AB, Borås. [In Swedish] 
Mouritsen, K.N. and Jensen, K.T. 1992. Choice of microhabitat in tactile foraging dunlins 
Calidris alpina: the importance of sediment penetrability. Marine Ecol. Progress series 
85: 1-8. 
Myrdall, J. (1999) Jordbruket under feodalismen 1000-1700. Det Svenska jordbrukets 
historia. Natur och Kultur/LTs förlag. Centraltryckeriet AB, Borås. [In Swedish] 
Naturvårdsverket. (2004) Effekter av störningar på fåglar. Rapport 5351. Naturvårdsverket, 
Stockholm. [In Swedish] 
Newton, I. 2006. Can conditions experienced during migration limit the popualtion levels of 
birds? Journal of Ornithology 147: 146-166. 
Olsson, C. and Wiklund, J. (1999) Västerbottens fåglar. Västerbottens Ornitologiska 
Förening. Umeå. [In Swedish] 
Ottvall, R., Edenius, L., Elmberg, J., Engström, H., Green, M., Holmqvist, N., Lindström, 
Å, Pärt, T and Tjernberg, M. (2009) Population trends for Swedish breeding birds. Ornis 
Svecica 19(3), pp. 117-192. 
Ramenofsky, M. and Wingfeld, J.C. (2006) Behavioral and physiological conflicts in 
migrants: the transition between migration and breeding. 
Journal of Ornithology 147: 135-145. 
Roberts, N. (1998) The Holocene. An environmental history. Second edition. Blackwell 
Publishers, Oxford. 
Robinson, R.A. and Sutherland, W.J. (2002) Post-war changes in arable farming and 
biodiversity in Great Britain. Journal of Applied Ecology 39, pp. 157-176.   26
Siriwardena, G.M., Calbrade, N.A. and Vickery, J.A. (2008) Farmland birds and late winter 
food: does seed supply fail to meet demand? Ibis 150, pp. 585–595. 
Svenning, J-C. (2007) “Pleistocen re-wilding” merits serious consideration also outside 
North America. IBS newsletter 5(3), pp. 3-10. 
Svensson, S., Svensson, M. and Tjernberg, M. (1999) Svensk fågelatlas. Vår Fågelvärld, 
supplement nr. 31. Stockholm. [In Swedish] 
Taft, O.W., Sanzenbacher, P.M. and Haig, S.M. 2008. Movements of wintering Dunlin 
Calidris alpina and changing habitat availability in an agricultural wetland landscape.  
Ibis 150: 541-549. 
Tombre, I.M., Madsen, J., Tømmervik, H., Haugen, K-P. and Eythórsson, E. (2005) 
Influence of organized scaring on distribution and habitat choice of geese on pastures in 
Northern Norway. Agriculture, Ecosystems and Environment 111, pp. 311-320. 
Toogood, S.E. and Joyce, C.B. (2009) Effects of raised water levels on wet grassland plant 
communities. Applied Vegetation Science 12, pp. 283-294. 
Väisänen, R.A., Lammi, E. and Koskimies, P. (1998) Muuttuva pesimälinnusto. 
Kustannusosakeyhtiö Otava, Helsinki. [In Finnish] 
Valkama, J., Robertson, P. and Currie, D. (1998) Habitat selection by breeding curlews 
(Numenius arquata) on farmland: the importance of grassland. Annales Zoologica 
Fennica 35: 141-148. 
van Eerden, M.R., Zijlstra, M., van Roomen, M. and Timmerman, A. (1996) The response 
of Anatidae to changes in agricultural practice: long term shifts in the carrying capacity 
for wintering waterfowl. Gibier Faune Sauvage 13, pp. 681–706. 
Vera, F.W.M. (2009) Large-scale nature development - the Oostvaardersplassen. British 
Wildlife 20(5), pp. 28-36. 
Vickery, J.A., Bradbury, R.B., Henderson, I.G., Eaton, M.A. and Grice, P.V. (2004) The 
role of agri-environment schemes and farm management practices in reversing the 
decline of farmland birds in England. Biological Conservation 119, pp. 19-39. 
Viltskadecentrer. (2010) Viltskadestatistik 2009. Statistik och prognoser från 
Viltskadecenter 2010:1. Grimsö forskningsstation, Riddarhyttan. [In Swedish] 
Wallin, J-E. and Delin, S. (2010) Havsörnen i Västerbottens läns kustland, 2008 och 2009. 
Fåglar i Västerbotten 1: 14-15. [In Swedish] 
Welinder, S., Pedersen, E.A. and Widgren, M. (1998) Jordbrukets första fem tusen år 4000 
f.Kr. - 1000 e.Kr. Det Svenska jordbrukets historia. Natur och Kultur/LTs förlag, 
Centraltryckeriet Borås. [In Swedish] 
Wretenberg, J., Lindström, Å, Svensson, S., Thierfelder, T. and Pärt, T. (2006) Population 
trends of farmland birds in Sweden and England: similar trends but different patterns of 
agricultural intensification. Journal of Applied Ecology 43, pp. 1110-1120. 
   27
Acknowledgements 
First and foremost I have to thank Professor Kjell Sjöberg for re-opening 
the door to the academic world and for guiding me through the initial 
phases of my PhD project. Thanks also for the “side projects” we have been 
able to develop over the years. 
After Kjell’s retirement, Carl-Gustaf Thulin took over as main supervisor; a 
daring task. This thesis proves that he is capable of guiding an odd bird like 
me, past tempting distractions, to a solid goal. I really appreciate what you 
do and how you do it! Thanks also to the rest of my “supervising team”; 
Lars Edenius, Jonas Sahlsten and Kjell Sjöberg. Last but not least, I want to 
thank co-author Jun Yu for excellent cooperation. 
Speaking of team; a workplace like SLU demands teamwork of all sorts: 
from keeping the building a nice place to be, via technical and economical 
support, to heading the department. I really appreciate and respect Your 
part in the play. Thanks! 
My fellow PhD students, of course, have played, and play, an important 
role in my “department-life”. As years went by, many of them have left the 
building, most of them after defending an excellent thesis. Of the ones who 
are still (partly) around, my three New Zealand comrades (Fredrik 
Stenbacka, Wiebke Neumann and Henrik Thurfjell) hold a special position. 
So many good memories to share! I hope that the “new doctorands” and I 
have similar experiences waiting. I’m also honoured to send a special 
Thank you! to Tuulikki Rooke and Per-Arne Åhlén for tolerating me as 
their roommate. It has been a pleasure for me.   28
“IRL” (= outside the academic world), many friends, colleagues and 
partners have contributed greatly to the value of life and to my doings. 
Receiving inspiration and challenges from various spheres has been of vital 
importance to me. To all of you who inhabit these spheres: Thanks a lot for 
who you are and what you do. The fat lady hasn’t sung yet! 
A special sphere, of course, is the one closest to my heart. Here, my 
partner-in-life Marianne de Boom, our children Robin and Laura Linn, and, 
in recent times, Josefin and grandson Jordi, share my everyday life. Not 
always glamorous, not always exciting, but all the more vital for body and 
soul. Thanking you will always be insufficient. 
In conclusion: Thank you all for making me longing for Tomorrow as 
much as I have been longing for Today. 
Fieldwork for the waterfowl study was financed by The Swedish Rail 
Administration (2005-2007) and by Stiftelsen Naturvård vid Nedre 
Umeälven (2008-2009) through grants to the Department of Wildlife, Fish, 
and Environmental Studies, Faculty of Forestry, Swedish University of 
Agricultural Sciences. 
 